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Fire is the most frequent disturbance in the Ericaceous Belt (ca 3000–
4300 m.a.s.l.), one of the most important plant communities of tropical Afri-
can mountains. Through resprouting after fire, Erica establishes a positive
fire feedback under certain burning regimes. However, present-day human
activity in the Bale Mountains of Ethiopia includes fire and grazing systems
that may have a negative impact on the resilience of the ericaceous ecosys-
tem. Current knowledge of Erica–fire relationships is based on studies of
modern vegetation, lacking a longer time perspective that can shed light
on baseline conditions for the fire feedback. We hypothesize that fire has
influenced Erica communities in the Bale Mountains at millennial time-
scales. To test this, we (1) identify the fire history of the Bale Mountains
through a pollen and charcoal record from Garba Guracha, a lake at
3950 m.a.s.l., and (2) describe the long-term bidirectional feedback between
wildfire and Erica, which may control the ecosystem’s resilience. Our results
support fire occurrence in the area since ca 14 000 years ago, with particu-
larly intense burning during the early Holocene, 10.8–6.0 cal ka BP. We
show that a positive feedback between Erica abundance and fire occurrence
was in operation throughout the Lateglacial and Holocene, and interpret the
Ericaceous Belt of the Ethiopian mountains as a long-term fire resilient eco-
system. We propose that controlled burning should be an integral part of
landscape management in the Bale Mountains National Park.1. Introduction
Burning triggers a variety of ecosystem responses depending on type, fre-
quency, intensity and size of the fire [1–3]. This is particularly true in tropical
montane ecosystems where fire exerts a critical role in controlling community
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Figure 1. (a) Simplified fire trap dynamics in the Ericaceous Belt of the Bale Mountains. Fire regimes with a frequency between 4 and 50 years allows Erica to
resprout creating a highly flammable landscape. Fire regimes above that range lead to Erica forests with reduced flammability and resprouting ability. More frequent
fires lead to open landscapes with sparse less flammable stands and grassland. All photos are by M.U. Johansson but the 8 years old multi-stemmed landscape,
which is by G. Gil-Romera. (b) Location map of Garba Guracha lake (3950 m.a.s.l.) in the BMNP. Source: Natural Earth and OpenStreetMap Contributors; DEM: ASTER
GDEM (JPL-NASA) and satellite image Digital Globe via Google Satellite Imagery. (c) Top: Erica PAR. Bottom: CHAR. (Online version in colour.)
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2functionality, assembly and dynamics [4–6]. It is the case for
the Ericaceous Belt of the Bale Mountains National Park
(BMNP) of Ethiopia (figure 1), an African montane ecosystem
in which woody vegetation is dominated by Erica arborea
L. and Erica trimera (Engl.) [7,8] (Erica hereafter). It lies at
the afromontane–afroalpine ecotone between 3000 and
4300 m.a.s.l., and it varies from dense shrubland to open
heathland to forest. This variation is driven by environmental
factors such as temperature and moisture, but also by herbiv-
ory and fire frequency [9–11]. Erica shows a post-fire strategy
in which lignotubers, partially underground carbon-storing
structures, enable resprouting after fire under certain con-
ditions [12,13]. This strategy sets a positive feedback
between community flammability, understood as fire prob-
ability, and post-fire response, mediated by fuel
accumulation and landscape age structure. In the multi-
stemmed shrub phase (approx. 5–40 years), Erica is highly
flammable [14]. In older phases, the flammable Erica
canopy becomes vertically separated from surface fuels nearthe ground, which creates a moister sub-canopy climate so
flammability drastically decreases [4]. The relationship
between Erica biomass accumulation, fire risk and post-fire
response has been defined as a fire trap [14–16], i.e. the situ-
ation in which fire intervals between ca 5 and 40 years allow
Erica to resprout and also provide enough time to accumulate
biomass that may trigger new fire events [4,14,17] (figure 1a).
Fire in the Ericaceous Belt is often seen as a negative
driver in terms of erosion, carbon storage or vegetation resi-
lience [18,19]. However, we argue that through
understanding timing and long-term impact of fire, conserva-
tion officers can sustainably manage montane ecosystems
throughout Africa, especially in BMNP (figure 1b). The Eri-
caceous Belt is one of the most important ecosystems in the
African mountains, and the BMNP holds the most extensive
example in Africa [3], covering ca 90 000 ha at BMNP [20].
Intensive burning by local pastoralists is reported to nega-
tively impact heathland conservation [16]. By contrast,
traditional fire management aims at maintaining biodiversity
royalsocietypublishing.org/journal/rsbl
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3by creating vegetation mosaics, with young, non-flammable
stands acting as fuel breaks [4].
The question is thus to what extent may short-term obser-
vations help in understanding ecosystem dynamics, and in
formulating conservation policies. We hypothesize that fire
has been in place over long timescales in the area and that resi-
lience, understood as the capacity of a system to revert to a
previous state after disturbance [21,22] is a defining feature of
the Ericaceous Belt under certain fire regimes. We hypothesize
that the fire trap is a resilient property of the Ericaceous Belt
since it promotes and perpetuates the system’s stability [15,23].
In this study, we provide a millennial to decadal temporal
record, from the last deglaciation to the present, aiming: (1) to
test the hypothesis that the Ericaceous Belt has long been sub-
ject to fire, by identifying and reconstructing past fire activity;
and (2) to quantify the long-term fire–Erica feedbacks that
may define the Ericaceous Belt’s resilience. To address these
goals, we present, to our knowledge, the most continuous,
best-dated Lateglacial–Holocene charcoal record in the Afri-
can continent from Lake Garba Guracha (GGU) in the BMNP.72. Site description, material and methods
The Bale Mountains are composed of Miocene basalt and tra-
chyte lava [24]. The BMNP was created in 1970 to protect
parts of the unique Ethiopian afromontane and afroalpine eco-
systems, extending from about 3200 m.a.s.l. in the upper
montane zone, to 4377 m.a.s.l. at the peak of Tullu Dimtu in
the afroalpine zone, and including the afroalpine Sanetti plateau
[23]. GGU (06°52.6790 N, 39°51.6910 E, 3950 m.a.s.l.) has an area
of 15 ha and a maximum water depth of 6 m (figure 1b). The
regional climate has a pronounced rainfall seasonality; the
south to north rainfall gradient and the altitudinal temperature
gradient define themontane vegetation zonation [5]. Vegetation
around the lake is dominated by afroalpine communities with
prevailing woody dwarf shrubs and various herbs forming a
lakeshore marsh community, with isolated Erica shrubs and
smallErica tree stands on the upper slopes of the lake catchment
[5]. Palaeoenvironmental studies by Umer et al. [25] and Tierce-
lin et al. [26] provide detailed descriptions of the lake catchment
geology, ontogeny and vegetation. We retrieved a new 15 m
core from GGU in 2017 from which we took 1118 samples of
macroscopic charcoal as proxies of past fire and biomass burn-
ing [27,28], and 275 fossil pollen samples to document Erica
response to fire since 14 cal ka BP. Further details on core retrie-
val, chronology, proxy analyses and taphonomyare given in the
electronic supplementary material.
To obtain a time-evenly distributed charcoal record, we
modelled charcoal accumulation rate (CHAR) as a function
of age with LOESS, by searching a value of the span argu-
ment maximizing the R2 between predicted and observed
CHAR. We predicted the result over a regular time grid of
10-year intervals, concurring with the average accumulation
rates of GGU’s record and with current knowledge of
present-day Erica vegetation regeneration times [4,6].
Differences in resolution between CHAR and pollen
samples prevented the application of cross-correlation [29]
to better understand time-delayed and reciprocal links
between both variables. Our alternative approach consists
of fitting two sets of models: a synchronous model (electronic
supplementary material, equation S1) fitted on CHAR and
Erica pollen accumulation rate (PAR) samples with thesame age, and an asynchronous model (electronic supplemen-
tary material, equations S2 and S3), fitted on given response
and time-delayed samples of the predictor. These were fitted
once per lag on standardized data with generalized least
squares (GLS) [30] by using the gls function of the R package
nlme [31]. Pseudo R2 and standardized coefficient estimates
with their respective confidence intervals were used to
assess goodness of fit. One thousand null models on per-
muted response variables were fitted for each equation to
assess statistical significance. See electronic supplementary
material, Section S6 for further details on numerical methods.3. Results and discussion: the Ericaceous Belt: a
burning story
We have reconstructed the history of burning and ericaceous
vegetation around Garba Guracha for the past 14 ka
(figure 1c). The data show that fire activity has always been
present since the Lateglacial–Holocene transition with vary-
ing magnitudes. There are remarkably continuous, intense
fire phases during the early and mid-Holocene (10.8–6 cal
ka BP) and over the last 2000 years. The long-term Ericaceae
dynamics appear closely related to the burning patterns dis-
played in the GGU core. Thus PAR seems coupled to the
higher charcoal abundances, indicating that more numerous
and larger fires accompanied the spread of Erica around
GGU as it dominated the landscape between 11 and 6 cal
ka BP. Both Erica and burning increased slightly after 2 cal
ka BP. We infer that the Ericaceous Belt extended significantly
in the GGU catchment and across the adjacent Sanetti pla-
teau, thus increasing fuel availability and supporting larger
fires.
The synchronous model (electronic supplementary
material, equation S1) show a positive relationship (pseudo
R2 0.16, electronic supplementary material, figure S4)
between paired CHAR (hereafter called fire) and Ericaceae
PAR samples (hereafter called Erica). The asynchronous
model (electronic supplementary material, equation S2)
fitted on time-delayed fire (i.e. the effect of past fires on cur-
rent Erica value, figure 2a,c) showed that fire has a significant
and increasing positive influence on Erica between 550 and 10
years (lag 55–1) before each Erica value, with a maximum
pseudo R2 value of 0.15 at lag 1, converging with the
pseudo R2-squared of the synchronous model. These results
suggest that the post-fire response to wildfires at multi-
decadal timescales favoured heathland, rejuvenating the
system, fostering vegetative resprouting (i.e. maintaining
the fire-trap) and strengthening its resilience. This process
took place for most of the Holocene in the Bale Mountains.
The output of the asynchronous model (electronic sup-
plementary material, equation S3) fitted on time-delayed
Erica samples (i.e. the effect of past Erica values on current
fire occurrence, figure 2b,d) showed that Erica has an increas-
ingly strong positive correlation with fire across all lags,
starting with a pseudo R2 value of 0.20 at lag 1 (also conver-
ging with the pseudo R2 of the synchronous model) reaching
0.35 at lag 40 (400 years).
A thought-provoking result is that the positive effect of
Erica on fire occurrence over such a large time interval
implies a period of longer fuel accumulation than that of
the modern fire-trap system (5–40 years). Old Erica trees are
not able to resprout; once burnt, large trees die, thus
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4disrupting the fire trap [32]. Rather than a contradiction, we
understand this to be a non-analogue situation; i.e. there
are no equivalent dense old Erica forests in the present-day
Erica heathlands. The multi-stemmed Erica shrubs (5–40
years old) have a higher flammability than Erica forests
[14]. However, landscape flammability does not correlate
with quantity of fuel after passing the forest threshold;
although Erica forest has higher fuel abundance, it is less
flammable than Erica shrubs. Fuel amount is undoubtedly
one of the most relevant parameters controlling charcoal
amounts deposited into a lake. This means that intense,
large Erica forest fires left a larger imprint in the lacustrine
sequence than fires in the dense, shorter heathland thickets.
Therefore, biomass accumulating over centuries without
fires could lead to increased fire intensity—recorded as char-
coal amounts in the sedimentary archive—when a fire
eventually occurs.
We thus interpret the current Ericaceous Belt on the Bale
Mountains as a legacy of a long history of fire, where Erica
heathland resilience built up under short and medium time-
scale fire regimes. There are no other quantitative studies on
the long-term effect of fire in the African Ericaceous Belt,
but our findings concur with evidence from Ericaceae com-
munities in other biomes, such as the Mediterranean biome,
and their post-fire responses [33,34]. Our results support the
conclusion that controlled burning is indeed necessary to
favour mosaic Erica landscapes where a variety of community
ages prevents very large, destructive wildfires.4. Conclusion
We confirm that the Ericaceous Belt of the Bale Mountains is a
historically fire-dominated landscape where fire has been par-
ticularly intense during the early Holocene and over the last
2000 years. Our results indicate that the Ericaceous Belt haslong-term resilience to burning, as past montane Erica commu-
nities at these altitudes underwent intense burning without
reducing their dominance. Our asynchronous GLS model indi-
cates that the bidirectional relationship between fire and Erica
is positive. The model indicates that a long history of fire
occurrence at decadal to multi-centennial scales had a positive
effect on today’s Erica heathlands. Similarly, Erica fuel accumu-
lation over timescales of tens to hundreds of years has played
an important role in fire occurrence and behaviour. These
results support the integration of fire as a tool for landscape
conservation in the Ericaceous Belt of the BMNP.
Data accessibility. The code and data are temporarily archived in the
Zenodo repository: https://zenodo.org/record/3245377 but data
will also be available at the Global Charcoal Database: https://
www.paleofire.org/ and the Neotoma palaeo data archive https://
www.neotomadb.org/, upon publishing this manuscript. The code
is likewise available in the first author’s github: https://github.
com/ggilromera/BaleFire.
Authors’ contributions. G.G.-R., M.U.J. and G.M. conceived the study,
G.G.R., H.F.L., M.Z., L.B., B.L., D.A.G. and M.F. performed the
coring campaign. L.B. coordinated the dating process and performed
the depth-age model and G.G.R. analysed pollen and charcoal.
G.G.R., B.M.B. and C.A. performed numerical analyses, wrote the
code and discussed results. G.G.R. led the writing process, M.U.J.,
G.M., B.M., B.G. and W.Z. discussed the role of fire and the relation-
ship with Erica, M.S.-C. contributed with art work and all authors
made important contributions to the final manuscript revising it cri-
tically adding important intellectual content. All authors gave final
approval for publication and agree to be held accountable for the
work performed therein.
Competing interests. We declare we have no competing interests.
Funding. This study was funded by the DFG research unit FOR 2358.
B.M.B. was supported by FRIMEDBIO (Research Council of
Norway) trough IGNEX (project 249894). C.A. was funded by the
Swiss National Science Foundation (P2BEP2_178414).
Acknowledgements. We acknowledge the Department of Plant Biology
and Biodiversity Management, College of Natural and Compu-
tational Sciences, Addis Ababa University, Ethiopia, in particular,
Wege Abebe, for their collaboration in the project and providing
royals
5support during the fieldwork. We are indebted to the Ethiopian
Wildlife Conservation Authority for permitting our research in the
Bale Mountains National Park. The Ministry of Mines, Petroleum
and Natural Gas is acknowledged for granting sample export. Weare grateful to the Frankfurt Zoological Society, the Ethiopian Wolf
Project and staff of the Bale Mountains National Park for their logistic
support during our fieldwork, in particular, Geremew Mebratu and
Terefe Endale. ocietypublishReferences ing.org/journal/rsbl
Biol.Lett.15:201903571. Keeley JE, Pausas JG, Rundel PW, Bond WJ,
Bradstock RA. 2011 Fire as an evolutionary pressure
shaping plant traits. Trends Plant Sci. 16, 406–411.
(doi:10.1016/j.tplants.2011.04.002)
2. Keeley JE, Bond WJ, Bradstock RA, Pausas JG,
Rundel P. 2012 Fire in Mediterranean ecosystems:
ecology, evolution and management. Cambridge, UK:
Cambridge University Press.
3. Leverkus AB, Murillo PG, Doña VJ, Pausas JG. 2019
Wildfires: opportunity for restoration? Science 363,
134–135. (doi:10.1126/science.aaw2134)
4. Maria J. 2013 Fire and grazing in subalpine
heathlands and forests of Bale mountains, Ethiopia.
Umea, Sweden: Swedish University of Agricultural
Sciences.
5. Miehe S, Miehe G. 1994 Ericaceous forests and
heathlands in the Bale mountains of south Ethiopia.
Ecology and man’s impact. Hamburg, Germany:
Traute Warnke Reinbek.
6. Wesche K, Miehe G, Kaeppeli M. 2000 The
significance of fire for afroalpine ericaceous
vegetation. Mt. Res. Develop. 20, 340–347. (doi:10.
1659/0276-4741(2000)020[0340:TSOFFA]2.0.CO;2)
7. Hedberg O. 1951 Vegetation belts of the east African
mountains. Stockholm, Sweden: Svenska botaniska
fôreningens.
8. Hedberg O. 1964 Afroalpine plant ecology. Acta
Phytogeographica Suecica 49, 150.
9. Johansson M, Rooke T, Fetene M, Granström A. 2009
Browser selectivity alters post-fire competition
between Erica arborea and E. trimera in the sub-
alpine heathlands of Ethiopia. Plant Ecol. 207,
149–160. (doi:10.1007/s11258-009-9661-9)
10. Johansson M, Fetene M, Malmer A, Granström A.
2012 Tending for cattle: traditional fire
management in Ethiopian Montane Heathlands.
Ecol. Soc. 17, 19. (doi:10.5751/ES-04881-170319)
11. Miehe G, Miehe S. 1993 On the physiognomic and
floristic differentiation of ericaceous vegetation in
the Bale Mountains, SE Ethiopia. Opera Botanica
121, 85–117.
12. Canadell J, López-Soria L. 1998 Lignotuber reserves
support regrowth following clipping of two
Mediterranean shrubs. Functional Ecology 12,
31–38. (doi:10.1046/j.1365-2435.1998.00154.x)
13. Mesléard F, Lepart J. 1989 Continuous basal
sprouting from a lignotuber: Arbutus unedo L. andErica arborea L., as woody Mediterranean examples.
Oecologia 80, 127–131. (doi:10.1007/BF00789941)
14. Johansson MU, Granström A. 2014 Fuel, fire and
cattle in African highlands: traditional management
maintains a mosaic heathland landscape. Journal of
Applied Ecology 51, 1396–1405. (doi:10.1111/1365-
2664.12291)
15. Grady JM, Hoffmann WA. 2012 Caught in a fire trap:
recurring fire creates stable size equilibria in woody
resprouters. Ecology 93, 2052–2060. (doi:10.1890/
12-0354.1)
16. Bond WJ, Midgley JJ. 2001 Ecology of sprouting in
woody plants: the persistence niche. Trends Ecol.
Evol. 16, 45–51. (doi:10.1016/S0169-
5347(00)02033-4)
17. Johansson MU, Frisk CA, Nemomissa S, Hylander K.
2018 Disturbance from traditional fire management
in subalpine heathlands increases Afro-alpine plant
resilience to climate change. Glob. Change Biol. 24,
2952–2964. (doi:10.1111/gcb.14121)
18. Gashaw T. 2015 Threats of Bale Mountains National
Park and solutions, Ethiopia. J. Phys. Sci. Environ.
Stud. 1, 10–16.
19. Belayneh A, Yohannes T, Worku A. 2013 Recurrent
and extensive forest fire incidence in the Bale
Mountains National Park (BMNP), Ethiopia: extent,
cause and consequences. Int. J. Environ. Sci. 2,
29–39.
20. Hailemariam SN, Soromessa T, Teketay D. 2016 Land
use and land cover change in the Bale Mountain
eco-region of Ethiopia during 1985 to 2015. Land 5,
41. (doi:10.3390/land5040041)
21. Scheffer M, Carpenter SR, Dakos V, van Nes EH.
2015 Generic indicators of ecological resilience:
inferring the chance of a critical transition. Annu.
Rev. Ecol. Evol. Systematics 46, 145–167. (doi:10.
1146/annurev-ecolsys-112414-054242)
22. Willis KJ, Bailey RM, Bhagwat SA, Birks HJB. 2010
Biodiversity baselines, thresholds and resilience:
testing predictions and assumptions using
palaeoecological data. Trends Ecol. Evol. 25,
583–591. (doi:10.1016/j.tree.2010.07.006)
23. Holling CS. 1973 Resilience and stability of
ecological systems. Annu. Rev. Ecol. Syst. 4, 1–23.
(doi:10.1146/annurev.es.04.110173.000245)
24. Osmaston HA, Mitchell WA, Osmaston JAN. 2005
Quaternary glaciation of the Bale Mountains,Ethiopia. J. Quat. Sci. 20, 593–606. (doi:10.1002/
jqs.931)
25. Umer M, Lamb HF, Bonnefille R, Tiercelin J-J, Gibert
E, Cazet J-P, Watrin J. 2007 Late Pleistocene and
Holocene vegetation history of the Bale Mountains,
Ethiopia. Quat. Sci. Rev. 26, 2229–2246. (doi:10.
1016/j.quascirev.2007.05.004)
26. Tiercelin J-J et al. 2008 High-resolution
sedimentary record of the last deglaciation from
a high-altitude lake in Ethiopia. Quat. Sci. Rev.
27, 449–467. (doi:10.1016/j.quascirev.2007.
11.002)
27. Aleman JC et al. 2013 Tracking land-cover changes
with sedimentary charcoal in the Afrotropics.
Holocene 23, 1853–1862. (doi:10.1177/
0959683613508159)
28. Colombaroli D, Ssemmanda I, Gelorini V, Verschuren
D. 2014 Contrasting long-term records of biomass
burning in wet and dry savannas of equatorial East
Africa. Glob. Change Biol. 20, 2903–2914. (doi:10.
1111/gcb.12583)
29. Tinner W, Conedera M, Gobet E, Hubschmid P,
Wehrli M, Ammann B. 2000 A palaeoecological
attempt to classify fire sensitivity of trees in the
southern Alps. Holocene 10, 565–574. (doi:10.1191/
095968300674242447)
30. AW. R. Seddon, Froyd CA, Witkowski A, Willis KJ.
2014 A quantitative framework for analysis of
regime shifts in a Galápagos coastal lagoon. Ecology
95, 3046–3055. (doi:10.1890/13-1974.1)
31. Pinheiro J, Bates D, DebRoy S, Sarkar D, R Core
Team. 2018 nlme: Linear and nonlinear mixed effects
models. R package version 3.1-140. See https://
CRAN.R-project.org/package=nlme.
32. Clarke PJ, Lawes MJ, Midgley JJ, Lamont BB, Ojeda
F, Burrows GE, Enright NJ, Knox KJE. 2013
Resprouting as a key functional trait: how buds,
protection and resources drive persistence after
fire. New Phytol. 197, 19–35. (doi:10.1111/nph.
12001)
33. Lloret F, López-Soria L. 1993 Resprouting of Erica
multiflora after experimental fire treatments.
J. Vegetation Sci. 4, 367–374. (doi:10.2307/
3235595)
34. Obeso JR, Vera ML. 1996 Resprouting after
experimental fire application and seed germination
in Erica vagans. Orssis 11, 155–163.
